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Climate change is predicted to expand the ice-free season in western Hudson Bay and
when it grows to 180 days, 28–48% of adult male polar bears are projected to starve unless
nutritional deficits can be offset by foods consumed on land. We updated a dynamic energy
budget model developed by Molnar et al. to allow influx of additional energy from novel terrestrial foods (lesser snow geese, eggs, caribou) that polar bears currently consume as part
of a mixed diet while on land. We calculated the units of each prey, alone and in combination, needed to alleviate these lethal energy deficits under conditions of resting or limited
movement (2 km d-1) prior to starvation. We further considered the total energy available
from each sex and age class of each animal prey over the period they would overlap landbound polar bears and calculated the maximum number of starving adult males that could
be sustained on each food during the ice-free season. Our results suggest that the net energy from land-based food, after subtracting costs of limited movement to obtain it, could eliminate all projected nutritional deficits of starving adult male polar bears and likely other
demographic groups as well. The hunting tactics employed, success rates as well as behavior and abundance of each prey will determine the realized energetic values for individual
polar bears. Although climate change may cause a phenological mismatch between polar
bears and their historical ice-based prey, it may simultaneously yield a new match with certain land-based foods. If polar bears can transition their foraging behavior to effectively exploit these resources, predictions for starvation-related mortality may be overestimated for
western Hudson Bay. We also discuss potential complications with stable-carbon isotope
studies to evaluate utilization of land-based foods by polar bears including metabolic effects
of capture-related stress and consuming a mixed diet.
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Introduction
Climate change is causing the sea ice in arctic regions to melt earlier in spring (e.g., [1,2]), leading to a trophic mismatch between polar bears and their primary spring prey, the pups of
ringed seals (Phoca hispida) [3]. The bears acquire the majority of their annual energy reserves
from hunting seals on the ice, especially during the spring when they capture pups in their
snow lairs [4]. In western Hudson Bay, polar bears have historically relied on the energy from
hunting these seal pups to sustain them through the ice-free period on land until the ice reforms in fall [5,6]. Assuming that polar bear survival is dependent on access to seals during this
critical period, many predict declines in polar bear survival and abundance coincident with the
advance of sea ice breakup as polar bears will be forced ashore with smaller fat reserves for longer periods (e.g., [3,7,8]).
Molnár et al. [8] used a mechanistic approach to predict polar bear survival that involved establishing a relationship between physical measures (size and structure) and body composition
to determine how energy stores are incrementally depleted as polar bears spend longer periods
on land during the ice-free season. The model was parameterized with measurements of captured polar bears in western Hudson Bay and daily maintenance costs that are based on past
patterns of average daily weight loss experienced by the bears until they returned to the ice
[9,10]. Molnár et al. [8] used the model to predict the proportions of adult males that would
starve to death as the ice-free season expands to 180 days, a scenario predicted as ice conditions
worsen in response to climate change. The model takes into account somatic maintenance
costs and the effects of limited movements (2 km d-1) but does not allow for energy influx into
the system from consuming additional food on land.
Molnár et al. [8] justified not including a food intake parameter with the assertion that there
is no “energetically meaningful” food available for polar bears to eat. They cite Hobson et al.
[11] who found that polar bears only utilize fat accumulated from hunting seals prior to coming ashore for energy based on “marine” (as opposed to “terrestrial”) stable carbon isotope signatures in exhaled CO2 of polar bears captured on land. Because energy utilization pathways
can change under conditions of extreme stress (which polar bears may experience when captured [12]) and since land-based foods, such as geese and marine algae, can possess a marine
signature [13,14,15] their assertions may not be valid.
Polar bears are opportunists (e.g., [16,17]) and have been documented consuming various
types and combinations of land-based food since the earliest natural history records (e.g.,
[18,19, 20,21]). While subadults and family groups have been most often observed pursuing
terrestrial animal prey [22,23] and eating plants such as berries [16], the spatial distribution of
polar bear scats and personal observations (L.J. Gormezano and R.F. Rockwell), suggest that at
least some adult males currently consume plants and animals during the ice-free period [21].
In the absence of genetic analyses, the proportion of adult males using land-based resources is
not yet known, but it is reasonably assumed that if such foraging occurs and yields some energetic benefit it will increase in frequency (e.g., through social learning) as the needs intensify
[24,25].
In this paper, we reconstruct Molnár et al.’s [8] model to predict future survival of adult
male polar bears as the ice-free season expands to 180 days, but consider a scenario in which
nutritionally stressed bears seek additional terrestrial food when available. Because polar bears
have always consumed food on land and such feeding is already incorporated into daily weight
loss patterns used to build the original model, we only include novel animal foods (caribou,
Rangifer tarandus, eggs and Lesser snow geese, hereafter snow geese or LSGO, Chen caerulescens caerulescens) that have more recently been identified in the land-based diet [13]. The recent population increases of snow geese and caribou (i.e., 1980s, 1990s) have made them more
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available to arriving bears, which coincides with the onset of advance in spring ice-breakup
[13]. Arriving polar bears now spatially overlap nesting snow goose colonies (see Figure 1 in
[26]) as well as local caribou herds which extend across the Cape Churchill Peninsula, south to
the Nelson River [13]. Furthermore, as polar bears come ashore earlier they will overlap more
of both the incubation periods of snow geese and calving of caribou, potentially creating a new
trophic match on land to compensate for the growing mismatch with seals on the earlier
disappearing ice.
To evaluate the potential effectiveness of each food toward fulfilling daily energy requirements of adult males projected to starve while on land for 180 days according to Molnár et al.
[8], we address these questions:
1. How many individual or combined units of each animal sex and age class (e.g., clutch of
eggs, caribou calves) would need to be consumed to prevent starvation in each adult male
polar bear?
2. What is the total energy potentially available to polar bears each day from snow geese, eggs
and caribou?
3. How many starving adult male polar bears could be supported by each food source?
We discuss the limitations of our derived energy calculations in light of the absence of rigorous
data on certain aspects of polar bear foraging behavior such as locomotive costs associated with
different foraging techniques.

Methods
Polar bear energy budget during the ice-free season
We used a 2 component, dynamic energy budget model [27] developed by Molnár et al. [8] to
track daily energy expenditures and potential deficits that polar bears could accrue while on
land as the ice-free season expands. Daily expenditures were presented as the change in storage
energy utilizations for somatic maintenance and movement over time. Parameters such as metabolic rate and fat reserves were modeled with straight-line body length and total body mass of
different sex and age classes of polar bears captured on land in western and southern Hudson
Bay. Based on these relationships, daily estimates of structural volume and energy stores were
generated and used to predict critical thresholds beyond which starvation occurred [8].
Application of this model is limited to adult male polar bears ( 7 years old) during the icefree season, so other draws on storage energy, such as thermoregulation, structural growth and
reproduction are not accounted for. Because Molnár et al. [8] assume that there is no influx of
energy from foods consumed during this period, the general model (Eq (2) in [8] changes solely
as a function of daily expenditures, including somatic maintenance and movement:
mLBM
dE
¼ |ﬄﬄﬄﬄﬄ{zﬄﬄﬄﬄﬄ}
dt
Somatic maintenance

ðaM b þ cM d vÞ
|ﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄ{zﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄ}

ð1Þ

Movement

where somatic maintenance is assumed to be proportional to the costs associated with maintenance of lean body mass (LBM) and the metabolic rate (m) is the energy required to maintain a
unit mass of lean tissue [10]. Movement costs were derived from an allometric equation describing how costs change as a function of total body mass, M [10]. The ﬁrst component, postural costs, (aMb) describes metabolic costs associated with standing and the second, cMbv,
describes how energy consumption increases linearly as a function of velocity, v [28,29].
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As explained by Molnar et al. [10], Eq (1) can further be expanded and parameterized using
the body composition model:
dE
¼ mða1 ð1  φÞE þ rSTR kL3 Þ
dt
|ﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄ{zﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄ}
Somatic maintenance
ðaða1 E þ rSTR kL3 Þ þ cða1 E þ rSTR kL3 Þ v
|ﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄ{zﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄﬄ}
b

d

ð2Þ

Movement
Where α represents the energy density of storage, φ is the proportion of storage mass that is fat
and ρSTRk is a constant to estimate structural mass from straight-line body length, L. Storage
energy, E, can be expressed as a function of total body mass and straight-line body length (Eq
(1) in [10]):
E ¼ aðM ¼ rSTR kL3 Þ

ð3Þ

Following [10], body composition and maintenance parameters were estimated as m = 0.089
MJ kg-1 d-1, α = 19.50 MJ km-1, φ = 0.439, ρSTRk = 14.94 kg m-3 and movement parameters
were estimated as a = 0, c = 0.0214 MJ km-1 and d = 0.684 [30]. Parameter b is not reported but
we assume this is because a = 0, so postural costs must equal zero, regardless of the value of b.
Most adult males are reported to be inactive on land during the ice-free season [31], however, movement rates of approximately 2 km d-1 have been reported [32] in western Hudson Bay.
Molnár et al. [8] consider both scenarios, where v = 0 (i.e., somatic maintenance only) and
v = 2 km d-1 for calculations of energy costs. Also, they observed little variation in straight-line
body length among the adult males sampled, so a mean length (L = 2.34 m) was used in all calculations. With initial energy stores, E0, the time to death by starvation was computed by numerically integrating Eq (2) and solving for time T when E(T) = 0 [8]. Two ice-free season
threshold lengths were used to compare starvation rates among adult males during times of
contrasting climate conditions: 120 days, typical of the 1980s, and 180 days to represent potential future conditions as warming trends progress. Using measurements for 97 adult male polar
bears captured in 1989–1996, and assuming those sampled bears were representative of all
adult males in the western Hudson Bay population, Molnár et al. [8] estimated that approximately 3% died of starvation at the end of a 120-day period if resting and 6% if walking 2 km d1
. As that period expands to 180 days, 28% and 48% would die of starvation if resting or walking, respectively. For sake of reference, adult males comprise approximately 25% (234 polar
bears) of the western Hudson Bay population (N = 935 in 2004) based on proportions captured
during darting operations once surveys were expanded to include all age and sex classes [33].
To reproduce their results, we computed energy density values (E/LBM) for sequential mass
values (in 1 kg intervals) using Eqs (2) and (3):
E
aðM  rSTR kL3 Þ
¼ 1
LBM ða ð1  φÞaðM  rSTR kL3 Þ þ rSTR kL3 Þ

ð4Þ

and matched the mass values associated with the energy densities for 97 adult male polar bears
extracted from Figure 3 in Molnár et al. [8]. Using discrete numerical calculations, we reproduced the daily energy usages for each of the 97 adult male polar bears under scenarios of resting or walking and for 180 days. Under scenarios of resting and walking, we iteratively
calculated the daily energy required to prevent starvation by adding the somatic maintenance
and movement costs (v = 2) for the mass that the bear was on the day before energy stores
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reached zero. Movement costs were added to the new daily energy requirements regardless of
whether these bears had been “moving” prior to starving because movement would be necessary to obtain food from that point forward. The daily energy requirements were summed
across all remaining days within the 180-day span for each starving bear (hereafter total energy
deﬁcit) and ranked by total value. These data are illustrated by listing the number of starving
polar bears with total energy deﬁcits in sequential 50,000 kcal groupings.

Food availability during a 180-day ice-free season
Although sea ice concentration and extent have delayed freeze-up in parts of Hudson Bay [2],
expansion of the ice-free season thus far has mainly been attributed to earlier breakup [1,7].
For this reason, we only consider an annual advance in spring sea-ice breakup to predict when
Hudson Bay would be ice-free for 180 days and thus when polar bears would be forced ashore
for that duration. We calculated this date following Rockwell and Gormezano [34] by linearly
projecting a 0.72 d yr-1 advance from the average breakup date observed in the 1980s (1980–
1989), when an ice-free period of 120 days was typical [8]. The year when this annual advance
resulted in a 60-day expansion of the ice-free period (180–120 = 60) was 2068.
To estimate snow goose arrival, breeding and molt during the 180-day ice-free season, we
projected the mean hatch date in 2068 based on a 0.16 d-1 yr-1 advance from 2008 (21 June)
[34]. Caribou are cued to initiate spring migration to the calving grounds based on day length
and studies in other caribou populations indicate that calving date has advanced little in response to climate change [35]. We, therefore, used the 2013 estimated calving date, 1 June, for
energy calculations in 2068. For sake of simplicity, we used 2013 estimates of population size
for LSGO (71,068 nesting pairs) and caribou (minimum count of 3000) for energy calculations
in 2068.

Energy compensation to starving polar bears
Translating energy available into energy required to prevent starvation is difficult in a species
for which there is little information available on actual terrestrial foraging behaviors or the energetic costs and dynamics associated with those behaviors. In dealing with this uncertainty,
we make an initial attempt at integrating the energy available with energy needed by examining
maximum potentials and then computing the foraging efficiency that would be required for
the translation.
We tabulated the total energy that would be available from each food in 2068 as the ice-free
season expands to 180 days. We then compared these energy estimates to different deficit levels
that are projected for polar bears that will be susceptible to starvation (28% of resting and 48%
of walking bears) according to Molnár et al.’s [8] model. Total energy deficits for each starving
bear were ranked into 5th (highest energy requirements), 25th, 50th, 75th and 95th (lowest energy
requirements) percentiles with each computed from the average of all energy values falling
within 2.5 percentage points (above or below) each of the aforementioned percentiles. We then
calculated how many units of each food item (e.g., clutches of eggs, individual animals) could
maximally compensate for the total energy deficits of starving bears in each of the 5 energy
condition percentiles for bears that were either resting or walking 2 km d-1 prior to starvation
assuming only the added 2 km d-1 movement costs (and no additional energetic cost) to procure each food item. Also, because polar bears often consume different foods together [21], we
provide an example of potential combinations of foods, based on patterns observed in polar
bear scat, that together compensate for total energy deficits in each percentile for resting or
walking bears.
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Adult male polar bears have been observed pursuing and consuming each of the food items
discussed, which suggests that the behavior could become widespread through social learning
and energetic need [22,25]. For this reason, we also modeled the total number of starving adult
male polar bears that could be supported by each of the food items (eggs, LSGO, caribou) as
the ice-free season expanded to 180 days. For each day polar bears overlapped a food source,
the total available energy from each food (eggs, goslings, pre-hatch adult females, flightless
adults, calves, yearlings, cows, bulls) was tabulated. For this analysis, we only considered an
“average” year for gosling survival and used the minimum estimate of 3000 caribou in the
Churchill area (see “Computing the potential caloric values of land-based foods”). Using Molnár et al.’s [8] proportions of 97 adult male polar bears that would starve in 180 days, we calculated the energy needed for somatic maintenance and movement costs at 2 km d-1 (whether or
not they had been walking previously) at the mass the day before they would starve (E(t) = 0).
Because most of the starving bears depleted their energy reserves at approximately the same
mass (
x = 191.93 kg, SD = 0.2512) the daily energy requirements (including both somatic and
movement costs) did not differ much between individuals so we used the mean value (4450.28
kcal d-1, SD = 5.37) in calculations. We divided the total energy value of each food item,
summed across days, by the mean daily energy deficit (4450.28 kcal) multiplied by the maximum number of days that a starving polar bear would need daily energy supplementation (122
days) to obtain the minimum number of adult male polar bears coming ashore susceptible to
starvation that could be supported by each food. This is a conservative estimate of supported
bears because individual bears depleted their energy reserves at various points within the
180-day span depending on their arrival mass. 122 days represents the longest period over
which males in the worst condition would need to supplementation (days 59 through 180); all
others would require food for shorter periods of time. In accordance with Molnar et al. [8], we
use the same distribution of arrival masses for calculations of adult male survival as were observed during the 1980s and 1990s. The lack of procurement costs, other than those for movement 2 km d-1, in calculations of daily energy requirements may lead to overestimation of the
number of bears supported by each food item so these estimates should be considered the
maximum limits.
Recreation of energy profiles for individual polar bears and other computations were completed using R 3.0.1 [36].

Computing the potential caloric values of land-based foods
Snow Geese. In 2006, the nesting population of snow geese on the Cape Churchill Peninsula (CCP) was estimated to be 48,885 pairs [34]. In response to management actions taken to
control the Mid-continent Population of snow geese, adult survival had been reduced since
1996 and the population was thought to be nearly stationary [37]. After 2006, however, adult
survival increased [38] and the population has again been growing at its pre-management rate
of λ = 1.05 to 1.06 (R.F. Rockwell, unpublished data). Because a complete inventory of the CCP
snow geese is not scheduled until 2016, we estimated the 2013 population size by projecting the
2006 value forward with a discrete time geometric growth using the midpoint of the population
growth estimate as 48,855 × 1.0557 = 71,068 pairs of nesting geese.
We used the fat and protein content of newly laid snow goose eggs estimated by Badzinski
et al. [39] and described the changes in caloric worth over the 24-day incubation period from
patterns of decline as the yolk content is consumed by the embryo [40,41]. We projected a
peak hatch date of 20 June for 2013 based on 0.16 day per year advance since 2006 (21 June)
described in Rockwell and Gormezano [34]. The actual hatch date will vary over a span of 7
days each year due to asynchronous nest initiation [34]. Using the peak (or mean) hatch date
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will result in a slightly different projected overlap with polar bear arrival from what was reported earlier based on annual advance rates [34]. Assuming a 1:1 sex ratio among adults [42]
and all females bred, we estimated energy values for 71,068 clutches and 284,272 eggs, using a
modal clutch size of 4. We calculated values for partial clutches for the 3 days after laying was
initiated until day 4 when most clutches were complete (i.e., contained 4 eggs) and assumed
that both eggs and adult females would be vulnerable to predation during laying and incubation. A daily nest survival rate was computed based on an overall nesting success of 91.5% over
the 24-day incubation period (0.9962 = 0.915(1/23 days)) [26].
Post-hatch gosling survival varies annually, depending, in great part, on the degree to which
hatch coincides with peak emergence of wetland grasses (e.g., Puccinellia phryganodes) that
goslings forage upon [42]. Years of closer match between hatch and peak emergence of graminoids (hereafter “good years”) results in higher survival rates 30 days after hatch (e.g., 2013
s = 0.795, computed from the decline in the proportion of goslings between hatch and banding
operations 30 days later when the proportion of goslings is again estimated). Years when hatch
precedes graminoid emergence (hereafter “bad” years) result in lower survival during the same
period (e.g., 2007, s = 0.525). The number of goslings on day 1 (260,109) was computed from
the proportion of successful nests multiplied by 4 (modal clutch size). Gosling numbers from
day 2 to 30 were computed using daily survival estimates for good (0.9921 = 0.795(1/29 days)),
bad (0.9807 = 0.525(1/29 days)) and an average year (0.9864 = 0.660(1/29 days)), using the midpoint
of good and bad.
Fat and protein values were available for neonates [43], however only body mass and protein measures could be obtained for growing goslings (at days 31 and 43) from Akimiski Island,
Nunavut [44], where snow geese are generally smaller than those nesting further north on the
CCP (R.F. Rockwell pers. obs.). To establish general relationships describing increases of both
protein and body mass, based on 3 measures (days 1, 31 and 43), we calculated the daily average geometric growth rates between measurements using the following equation:
Daily Growth Rate ¼ ðmiþ1 =mi Þ

1=ðtiþ1 ti Þ

ð5Þ

where m is the measured content (e.g., mass, protein) in kilograms and t is time in days between the measurements. Between days 1 and 31 daily increases in protein and mass were
1.1164 and 1.0988 grams, respectively, and between days 32 and 43, growth slowed to 1.0175
and 1.0128 grams of protein and mass, respectively.
To relate the proportion of protein to mass of the goslings observed on Akimiski Island to
the larger ones on the CCP, we first used regression to establish a general relationship of how
body mass of CCP goslings changes through the growth period. Using body mass values of neonates from the McConnell River in Nunavut (i.e., similar mass to CCP neonates) [43] and
those from the CCP from days 23 to 50 (R.F. Rockwell, unpublished data), we fit a power function to describe changes in body mass with time (y = 85.479x0.7766; R2 = 0.99). We then multiplied ratios of protein to body mass calculated from the Akimiski Island gosling data [44] to
the masses of goslings in CCP to estimate daily protein content.
To estimate fat content of goslings, we used a lipid index model from Table 4b in Aubin
et al. [45] that describes how fat reserves decrease with gosling age. We scaled the index units
to known lipid values (in grams) for neonates (i.e., day 1) [39,46] and fit the data to a power
function (y = 0.562x-0.992; R2 = 0.74) that predicts daily fat content and suggests a drastic drop
after day 3 when the remaining yolk is exhausted by the gosling. Grams of fat and protein were
converted to gross energy using standard coefficients of 9.39 and 4.30 kcal g-1, respectively
[47,48]. We further scaled these by the digestibilities of fat and protein for polar bears (0.97
and 0.84, respectively) provided by Best [49].
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Both adult males and females are present during incubation, however, females of both snow
geese and common eiders (Somateria mollissima) have been observed being attacked by polar
bears while guarding their nests [50]. During these attacks the females are stalked slowly then
rushed by polar bears [50] suggesting that females are vulnerable to predation during this period even though capable of flight. For this reason, we include the caloric value of adult females
(not males) from the initiation of laying through hatch using fat and protein values from
Ankney and McInnes [51]. We fit a power function (y = 2E+19x-7.31; R2 = 0.99) to the calculated available energy (kcal) modeled with time for the laying, early and late incubation periods
and predicted daily energy values from day 1 of incubation through hatch for 35,534 females.
Approximately 18 days after hatch, adults begin molting their flight feathers [52,53] and
both sexes are vulnerable to predation (e.g., [22,54]). We calculated the available energy (kcal)
from protein reserves (fat content is negligible) of both adult males and female during the posthatch, early and late molt periods [51,55]. A linear regression model was fit to the average
available energy of males and females with time (y = 2E+06x-1.491; R2 = 0.63) and used to predict energy values from the beginning of molt (2 July) to flying, approximately 4 weeks later (2
August). Gross energy from protein was scaled by Best’s [49] estimate of digestibility (0.84).
Caribou. Unlike the case for snow geese, there is no long-term database available for the
caribou of the CCP. In generating our estimates of available calories, we have relied on all information there is on this herd and information from studies of mostly nearby herds. Rigorous
population surveys are lacking for the Churchill caribou herd, however recent counts (in 2005
and 2012) suggest a stable minimum population size of approximately 3000 animals (R. Brook
and C. Elliott pers. comm., [56,57]). Using this value as a lower limit, we consider caloric values
from a total of 3000, 4000 and 5000 individuals (D. Hedman, pers. comm., [56,57]) to reflect
the uncertainty surrounding population size. The number of adults was estimated based on a
sex ratio of 0.85:1, males to females [58].
Calves were most often first sighted on or around 1 June in the CCP (R.F. Rockwell, pers.
comm.), so this date was chosen as day 1 to determine calf composition based on daily growth
with age. This date seems reasonable since it occurs midway between peak calving in the Pen
Islands herd to the south (17–28 May) [59,60] and the Qamanirjuaq herd to the north (5–15
June) [61]. Although data from collared females in the Churchill herd indicate that adult females typically migrate toward the coast in April (V. Trim, pers. comm.), we considered all age
and sex classes of caribou to be vulnerable to predation by polar bears from the onset of calving
(1 June) until they leave the coast by 15 October (total days = 137 days) (V. Trim, pers. comm.)
Calf survival was based on observed proportions of calves in the population and estimates
of mortality during different times of the year. We used an estimate of 21.1% calves during the
post-calving period (~ 1 July) based on the average of counts from 2008 (23.1%) and 2009
(16.1%) in the Pen Islands Herd [60]. We estimated calf mortality (28.6%) from birth to the
post-calving period (1 July), based on average mortality estimates for the Porcupine herd in
Alaska during the first month after birth (1983–1985) [62]. Using the proportion of calves
present in the population on 1 July (21.1%) and calculating the average daily survival from 1
June (birth) to 1 July (0.9888 = 0.714(1/30 days)), we estimated that neonate calves (prior to mortality) comprised 29.6% of the population. We used an estimate of over-winter calf survival
(14.7%) based on average calf to adult ratios (17.2:100) from late winter surveys of the Churchill herd conducted in 2012 and 2013 (V. Trim, pers. comm.) to calculate the survival rate
(0.6967) from 1 July to 1 March based on the average change in proportion of calves in the
population during this period. The average daily survival rate during this period was calculated
in a similar fashion as above (0.9985 = 0.6967(1/242 days)).
We also used the proportion of calves in the population that survived the winter (14.7%) to estimate the proportion of yearlings available during summer. Given that 12–15% recruitment is
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generally considered to be the threshold for population stability in caribou populations [63] and
the Churchill herd is considered relatively stable [57], an estimate of 14.7% is not unreasonable.
The fat and protein content (kg) of adult females and calves at different stages of growth
were taken from Gerhart et al. [64] based on data from the Central Arctic and Porcupine
herds. Gerhart et al. [64] developed a series of equations to predict fat and protein content of
caribou from measurements of total body mass (kg). We used standard coefficients, 4.30 and
9.39 kcal g-1, to convert predicted fat and protein, respectively, to gross energy. Available energy was calculated using digestibilities of fat and protein (0.97 and 0.84, respectively) provided
by Best [49]. Energy values for adult males and yearlings were predicted using these relationships from body mass (kg) values of Svalbard reindeer (for adult males) [65] and Svalbard reindeer and caribou (for yearlings) [65,66] at various times of the year.
Daily changes in fat and protein composition for adults, yearlings and calves were calculated
using Eq (5). Daily growth rates of fat and protein in calves were calculated based on measurements obtained for 1 Jun, 27 Jun, 23 Oct., 11 Sep. 13 Oct., corresponding to days 1–134 from
birth [64]. Measurements for adult females were obtained for 7 May, 7 Jul., and 3 Oct. [64]. We
obtained monthly estimates of body mass for adult males and yearlings and estimated daily
growth rates from the mid-point of each month, including May, Jun., Aug., Oct. (and Nov. for
adult males only) [65,66].

Results
Of the 97 adult male polar bears sampled, Molnár et al. [8] predicted that 28% (27) and 48% (47)
would starve if resting or walking before energy depletion, respectively. Of those bears that were
resting before starving, we found that many (10) experienced energy deficits of less than 50,000
kcal. Of those bears that were walking before starving, most (28) experienced deficits less than
100,000 kcal, with most falling between 50,000 and 100,000 kcal based on our analyses (Fig 1).

Potential energy available from land-based foods
The energetic value of all stages of LSGO (eggs, goslings, adults) calculated for the 2013 population size was approximately 11,702, 10,959 or 10,334 million kcals depending on whether it
was a good, average or bad gosling survival year, respectively. During an average gosling survival year, eggs, pre-hatch adult females and flightless adults comprised 11.8%, 31.2% and 16.4%
of the total kcals available to polar bears. Goslings comprised 47.4%, 40.6% and 34.9% of the
total available kcals in good, average and bad survival years, respectively. The number of
clutches and their respective caloric values both dropped over the course of the 24-day incubation period. For example, on day 1 approximately 71,068 clutches were each worth 840.05 kcal,
whereas on day 24 the number of clutches drops to 65,027 and were each worth 493.18 kcal.
Goslings, available for 43 days, grew rapidly and range in value from 118.68 kcal at hatch to
1128.23 kcal shortly before flight (
x = 576.61 kcal). Pre-hatch females could provide the most
energy per unit and were most valuable during laying and beginning of incubation (3394.46
kcal), then rapidly lost weight over the 27-day period, dropping to 1015.84 kcal just before
hatch (
x = 1950.04 kcal). Flightless adults, having exhausted their fat reserves, could provide
between 603.76 kcal (post-hatch) to 505.64 kcal (before flight), with an average value of 552.38
kcal over the 25 days that they were available (Fig 2).
Caribou can provide a total of 38,584, 51,445 or 64,307 million kcal for an estimated population size of 3000, 4000 and 5000, respectively. Assuming an average population size of 4000,
calves, yearlings, adult females and adult males comprised 6.2%, 7.8%, 45.9% and 40.1% of the
total energy available to polar bears. Adult females were each worth 70,964.09 kcal at the onset
of calving and increased to 141,066.20 kcal by the middle of October (
x = 89,835.99 kcal).
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Fig 1. The number of starving adult males that are expected to come ashore with different-sized energy deficits during a 180-day ice-free season.
Calculations are based on the additional kilocalories required for daily somatic maintenance and limited movement (2 km d-1) needed to prevent starvation in
each bear for the entire projected 180 days ashore.
doi:10.1371/journal.pone.0128520.g001

Calves and yearlings also steadily gained mass and were each worth 4,751.22 and 34,132.37
kcal, respectively, on 1 June, and increased to 51,653.94 and 55,921.61 kcal by 15 October, averaging 29,539.02 and 50,072.52 kcals, respectively, while on the calving grounds. Individual
adult males arrived at the calving grounds potentially worth 64,415.41 kcal and steadily increased in value until the onset of the rut (approx. 15 Sep.), peaking at 139,641.91 kcal, then
dropping to 118,835.01 kcal over then next month, averaging 105,956.41 kcal (Fig 3).

Compensation to starving polar bears
Molnár et al. [8] used the average body lengths (2.34 m) across their sample of adult male polar
bears, leaving initial body mass as the sole determinant (except for movement costs) of whether
a bear would starve during an extended 180-day ice-free season and for how many days energy
compensation would be needed. Assuming the current mean body length has future legitimacy,
adult male polar bears ( 7 years old) would starve shortly after reaching 191.93 kg and would
require approximately 4,450.28 kcal d-1 upon reaching that threshold mass to survive.
Adult male caribou could provide the most energy per unit, with less than 5 animals per
polar bear (<1 every 27 days) needed to prevent starvation for the entire 180-day ice-free period under scenarios of resting or walking. Because of the high caloric value of each caribou and
the incidences of multiple polar bears feeding off a single caribou carcass (Fig 4), the exact proportions of each animal that would be required to meet the daily caloric needs may be important and are presented (Fig 5a and 5b). Calves, though considerably smaller, could still
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Fig 2. The total available energy from snow geese and their eggs during the laying, incubation, post-hatch and molting stages of their life cycle
that occurs in the Cape Churchill Peninsula. The mean hatch and polar bear arrival dates provided (left-most vertical dashed lines) are for 2013, however,
if the ice-free season expands to 180 days, polar bears would arrive before nesting geese and thus have access to all the available energy illustrated.
doi:10.1371/journal.pone.0128520.g002

potentially support a starving walking polar bear in the 5th percentile with 15.8 units or approximately 1 calf every 8.7 days while they are available. As expected, smaller food units would require more frequent effort to obtain. For example, to sustain a starving walking bear in the 5th
percentile ~26 clutches of eggs or 19 goslings would need to be consumed each day. For starving walking bears in 50th percentile, the effort would drop to 10 clutches and 7.5 goslings per
day. The minimum number of units of each food required to sustain polar bears in each condition percentile are presented in Fig 5a and 5b.
Given the opportunistic nature of polar bears [13,21], combinations of food items may be a
more realistic means to fulfill daily energy deficits, especially since availability of different age
classes of each item does not necessarily overlap (e.g., LSGO, Fig 2). For example, to sustain
starving walking polar bears in the 50th percentile would require consuming ~5 egg clutches
every 3 days, ~1 incubating female off the nest every 3 days, ~2 goslings every 3 days, 1 flightless adult each day and 1 adult male caribou. Different food combinations for each condition
percentile for walking and resting starving polar bears are presented in Fig 5a and 5b.

Maximum number of starving adult male polar bears supported by each
food
Assuming a polar bear population size similar to the last estimate (935) [33] and the proportion
of adult males remains constant (~25%), then the available calories from eggs, LSGO and
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Fig 3. The total available energy from different sex and age classes of caribou on the summer calving grounds on the Cape Churchill Peninsula. If
the ice-free season expands to 180 days, polar bears are projected to come ashore prior to the onset of calving, which is currently 1 June, and have access to
all the available energy illustrated.
doi:10.1371/journal.pone.0128520.g003

caribou would each far surpass the energetic needs of adult males coming ashore at risk of starvation. To sustain 28% of resting adult males (66 = 935  0.25  0.28) for 117 days (the maximum # days that a resting starving bear would need supplementation for), the available
calories would surpass total energy required to sustain the starving bears by a factor of 38 for
eggs to a factor of 520 for adult female caribou. Similarly, to sustain the 48% of walking adult
males (112 = 935  0.25  0.28  0.48) that would be susceptible to starvation for 122 days (the
maximum time needed), the available calories would surpass those needed by a factor of 21 for
eggs to a factor of 291 for adult female caribou. The maximum number of adult male polar
bears that could be supported by LSGO for 122 days is 1,614, 5,551, 4,274 and 2,242 by eggs,
goslings, pre-hatch adult females and flightless adults, respectively (Fig 6). The maximum
number of adult males that could be supported by caribou is 4,378, 5,572, 32,651 and 28,464 by
calves, yearlings, cows and bulls, respectively (Fig 6).

Discussion
As the ice-free season expands with earlier spring breakup, polar bears are expected to come
ashore in western Hudson Bay with smaller energy stores [3] causing them to rely on terrestrial
food sources to compensate for energy deficits and avoid starvation. Molnár et al. [8] predicted
that, depending upon their activity while ashore, between 28 and 48% of adult male polar bears
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Fig 4. Three adult male polar bears feed on the remains of a bull caribou on Keyask Island (58.1695°N 92.8519°W) on the Cape Churchill Peninsula
on 8 August, 2012. This type of communal foraging illustrates the importance of how consumption of incomplete carcasses (as carrion or from predation)
can contribute to daily energy requirements. Here, the bear in the poorest physical condition (top) is most likely in need of the additional calories, however,
those in better condition still partake in the meal. Photograph by R.F. Rockwell.
doi:10.1371/journal.pone.0128520.g004

would starve to death unless supplemental food was consumed. By evaluating the energy value
of novel foods that polar bears currently consume on land, caribou, snow geese and their eggs,
we found that there are sufficient calories to compensate for daily accrued energy deficits of
adult male polar bears expected to starve as the ice-free season expands to 180 days. The veracity of relying on these land-based resources, however, likely depends on a number of factors including future prey availability, polar bear foraging behavior, energy costs associated with prey
procurement and physiological utilization of different macronutrients.
Although local populations of both snow geese and caribou have grown substantially since
the 1960s [13], future availability is difficult to predict. Both species have displayed weak phenological shifts in response to climate change, as reproductive cycles are cued more by day
length than air temperature [34,35]. As a result, mismatches with emergent vegetation at the
peak of goose brood rearing and peak caribou calving as well as habitat changes have impacted
both species [57,67]. Snow geese in the CCP have responded to changes in food availability
(mostly due to destructive foraging) by inhabiting new areas, moving further inland from the
coast and consuming alternative plant species [67]. Further, there is evidence to suggest that
deficiencies from mismatches with emergent vegetation at the onset of brood rearing may, in
part, be compensated for by earlier access to berries later in the season (C.P. Mulder,
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Fig 5. The number of indivudal units (left) or combinations (right) of food items that could satisfy total energy deficits (numbers on arrows in
center) of starving male polar bears onshore for 180 days. The levels of energy deficits vary from the lowest (95%) to the highest (5%) and are presented
for scenarios in which the bears have been resting (a) or walking (b) on land prior to starving. A 2 km d-1 energy cost associated with movement is
depreciated from daily food value calculations. If costs to procure food items exceed this movement cost, numbers of individual food requirements may
be underestimated.
doi:10.1371/journal.pone.0128520.g005

unpublished data). Behavioral changes, such as range shifts, are possible with heavy predation,
however, the lack of such responses from other nesting geese experiencing arctic fox and polar
bear predation suggests that local snow goose populations would likely not alter their behavior
substantially (see [26] and references therein). Such adaptive responses to environmental
stresses and resilience in the face of rigorous management control attempts [38,68] suggests
that snow geese may remain a viable future food source for polar bears on the CCP.
The resiliency of caribou in the face of progressive environmental change is less certain [57].
Although the Churchill herd is currently stable, studies in other regions have suggested that increases in variability and advances in emergence of commonly consumed plants with warming
temperatures have negatively impacted calf survival [35]. Other threats have included replacement of preferred winter forage (i.e., lichen and herbaceous plants) with shrubs and grasses
from forest fires, grazing and warmer temperatures [69,70,71]. Also, projected increases in precipitation would give predators, such as wolves, an advantage potentially increasing mortality
[72]. These changes, however, can affect populations adapted to harsh conditions in different
ways [73], so that some populations are experiencing growth while others decline [57]. Given
the small number of animals required to satisfy the energetic requirements of starving polar
bears, it is unclear whether even modest future declines in the Churchill herd would hinder
polar bear predation efforts as long as caribou maintain their current distribution (i.e., along
the coast). Caribou may occupy the coast of western Hudson Bay (where polar bears occur in
high densities) for a variety of reasons including to avoid harassment by insects (e.g., [74]) so
whether the increased threat of predation would cause them to shift their distribution further
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Fig 6. The maximum number of adult male polar bears projected to starve as the ice-free season expands to 180 days that could be supported by
the total energy pools from each food resource. Estimates are based on 2013 population sizes of each prey and take into account somatic maintenance
and daily movement costs. Values may be overestimated if true procurement costs exceed those included.
doi:10.1371/journal.pone.0128520.g006

inland is unknown. Encounter rates between polar bears and caribou may decrease with declines in abundance and shifts in distribution, but the method of capture (e.g., ambush versus
chase) may be more important in determining predation success [75,76].
With the paucity of knowledge regarding energy consumption rates at varying speeds of
travel, especially for adult males (i.e., > 235 kg), it is difficult to fully evaluate the feasibility of
the foraging scenarios suggested. However, based on past and current behavior, it is clear that
polar bears are capable of successfully capturing land-based ungulates, such as caribou (R.F.
Rockwell, pers. obs., [77]) and muskoxen [78] and actively pursuing them in western Hudson
Bay and other regions (L.J. Gormezano, pers. obs., [23,56]). The mean digestible energy content
of a seal, pooled across age classes, is 69,047 kcal [79], which is roughly equivalent to the average worth of an adult female caribou during June and July, although most of the energy is from
protein rather than fat. Using surprise hunting techniques, such as stalking and ambushing,
whereby landscape features (i.e., ice, water) are used to mask their approach, polar bears are
able to successfully capture seals without engaging in potentially costly pursuits [80,81]. Polar
bears have employed these same techniques on land, using shrubs and physiographic features
as cover to surprise caribou (R.F. Rockwell, pers. obs., [56]) suggesting equivalent (seal) calories
could be obtained on land without drastic changes in energy output. Further, caribou capture
rates (1 every 8.7–31.1 days) required to sustain starving walking polar bears coming ashore in
the worst condition, are comparable to capture rates (1 seal every 5.6–24.4 days) [4] of different
aged seals by polar bears in spring and summer.
Consumption rates of snow goose eggs and goslings that would compensate starving walking bears ranged from 3 to 26 clutches of eggs and 2 to 19 goslings per day depending on daily
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energy deficits. High daily depredation rates of goose nests have been reported in populations
around the Arctic (e.g., 108 barnacle goose nests) [82] but can vary depending on nest density
and total availability [83,84]. Based on camera footage of an common eider colony in western
Hudson Bay, some polar bears were consuming between 19 and 38 nests per day (D. Iles, unpublished data) suggesting that the maximum consumption rates required to support starving
bears (26 clutches) is not unrealistic. Also, polar bears coming ashore 60 days earlier (as would
be projected for 2068), they would overlap the entire incubation period, which would provide
substantially more calories to arriving bears than are currently available [34].
Capture rates of goslings and adults are rarely reported [85,86] but observations of polar
bears capturing and consuming up to 3 individuals per day (of various ages) have been reported for snow geese [22]. The extra skill and effort required to obtain birds (as opposed to
eggs) might pose limitations on meeting daily energy requirements from birds alone, however,
maximum rates suggested in the combination diet (0.2 to 1.2 goslings d-1, for example) are
quite reasonable. Further, anecdotal observations of flightless goslings and adult snow geese
being consumed consecutively by the same bear [22] and remains of adult snow geese and eggs
recorded in the same scat (25% of scats with eggs) further suggests a combination diet (Fig 5a
and 5b) would be a more realistic means to satisfy daily energy requirements.
The large numbers of starving polar bears that can be supported by each food resource suggest that surpluses would be available for other age and sex classes coming ashore with energy
deficits. It is important to note, however, that the actual number of bears that will come ashore
with energy deficits is unknown and may increase over time as marine food resources become
limited. Further, the only costs associated with procurement of prey are a 2 km d-1 movement
cost above somatic maintenance. Similar to lions (Panthera leo), polar bears are considered inefficient walkers so extended pursuits could reduce energetic returns [87]. Pursuits of geese on
land rarely exceed 30 seconds (R.F. Rockwell, pers. obs., [22]), however, pursuits of caribou
(running, walking and swimming) have lasted up to an hour (L.J. Gormezano, pers. obs.,
[23,56]) suggesting that costs associated with each capture (including failed attempts) could
be substantial.
Williams and Yeates [88] calculated an efficiency ratio (benefits/costs) of 3.8 for African
lions pursuing ungulates on land. Given the comparable locomotive inefficiencies between
lions and polar bears (Gormezano and Rockwell, unpublished data, [87,89]) it is possible that
when polar bears engage in longer distance pursuits, as opposed to more energy conserving
surprise techniques, a similar efficiency ratio could apply. In a hypothetical example, we applied this ratio to the energetic returns for caribou and found that it increased capture costs
(i.e., above somatic and movement) 1.7, 3.0, 5.3 and 6.3 times their previous value of approximately 4,450 kcal for calves, yearlings, adult females and adult males, respectively. Applying
these increased costs to the calculation of the number of starving walking polar bears supported
by the total calories from adult male caribou, for example, would reduce the number supported
by 84% from 28,464 to 4,543 bears. Although the exact energetic costs of polar bears pursuing
caribou using different hunting strategies remain unknown, the data presented here provide a
basis to estimate them once the appropriate behavioral and energetic studies have been
performed.
Previous studies have questioned the use of land-based foods to satisfy daily energy requirements while polar bears are on land [90,91]. Hobson et al. [11], for example, tested carbon dioxide exhaled by anesthetized polar bears in summer to evaluate whether a marine (seal) or
terrestrial (berry) stable-carbon signature would be obtained and thus, which was supplying
energy for current metabolic processes. Finding signatures that were almost identical to seals
(and different from berries), they concluded that all bears were persisting solely on energy derived from oxidized fat reserves accumulated while on the ice [11].
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It is possible, however, that the metabolic states of the bears in the Hobson et al. [11] study
were altered due to the biochemical effects of being captured [92]. Using the same drugs and capture protocol, Cattet [12] found that the plasma cortisol levels of polar bears after capture were
extremely elevated and although they decreased 40–50% after 1 hour, he noted that the physiological effects would continue well after the plasma cortisol levels decreased. He also observed
sustained concentrations of plasma glucose correlated with the cortisol surge and suggested the
bears may be exhibiting insulin resistance [12]. One of the many effects of cortisol is to sensitize
adipose tissue to the action of lipolytic hormones and to cause insulin resistance by decreasing
the rate at which insulin activates the glucose uptake system [93]. As a result, insulin resistance
leads to the disinhibition of lipolysis in humans [94]. If similar processes occur in polar bears, the
use of fat as a metabolic fuel that Hobson et al. [11] observed may not represent the prevalent
process, but instead, may have been temporary and triggered by the stress of capture [92].
Furthermore, certain foods that polar bears consume on land can complicate results of biochemical studies to distinguish ‘marine’ versus ‘terrestrial’ sources of expended energy using
stable carbon isotopes (δ13C) [14,95,96]. For example, marine algae (Laminaria spp. and
Fucus spp.), typical C4 plants that polar bears commonly consume from land, are more enriched with carbon and have higher δ13C values (-24 to -12‰) compared to most C3 (terrestrial) plants, although values range widely depending on plant part and time period sampled
[14,95].
Similarly, waterfowl, such as snow geese, Canada geese (Branta canadensis) and common eiders, summering on land in western Hudson Bay can exhibit ‘marine’ signatures from foraging
on plants and animals in brackish marshes and marine habitats [97,98]. Muscle δ13C values
for the aforementioned and other seabirds that polar bears consume can range from (-22.0 to
-15.5‰) [15,97,98], which clearly overlap δ13C values for ringed seal muscle (-19.4 to -18.1‰)
[90,97] and could, therefore, lead to erroneous conclusions regarding the sources of energy
used on land. Without specifically including these terrestrial foods (i.e., marine algae, birds) a
priori in carbon isotope mixing models, their proportional contribution can not be accurately
assessed [99], especially given the range of food combinations observed in the summer diet
from scat analysis [21].
Earlier arriving bears may come ashore with greater nutritional deficits from lost seal hunting opportunities as the ice-free season expands [7] but calories necessary to prevent starvation
will likely be available from land-based resources, such as caribou, snow geese and eggs. The
projected earlier 60-day arrival would allow polar bears to overlap both the entire incubation
and calving periods of snow geese and caribou, respectively, creating new phenological matches
to compensate for the growing mismatch with seals. Using the same energy-saving, surprise
hunting methods (e.g., ambush, stalk) to hunt geese and caribou that they typically use to capture seals [80,81], would provide polar bears energy compensation similar to the maximum
values reported here. Until further behavioral and oxygen consumption studies are performed,
however, the true costs associated with different foraging strategies and thus the total energy
returns can only be approximated.

Acknowledgments
We thank K. Abraham, D. Hedman and V. Trim for providing information on caribou in the
Churchill region.

Author Contributions
Conceived and designed the experiments: LJG RFR. Performed the experiments: LJG. Analyzed
the data: LJG. Contributed reagents/materials/analysis tools: LJG RFR. Wrote the paper: LJG.

PLOS ONE | DOI:10.1371/journal.pone.0128520 June 10, 2015

17 / 21

Land-Based Foods May Alleviate Polar Bear Energy Deficits

References
1.

Gagnon AS, Gough WA (2005) Trends in the dates of ice freeze-up and breakup over Hudson Bay,
Canada. Arctic 58: 370–382.

2.

Hochheim K, Barber DG, Lukovich JV (2010) Changing sea ice conditions in Hudson Bay, 1980–2005.
In: Ferguson SH, Loseto LL, Mallory ML (2010) A little less arctic: Top predators in the world’s largest
northern inland sea, Hudson Bay. New York: Springer. p. 39–52.

3.

Derocher AE, Lunn NJ, Stirling I (2004) Polar bears in a warming climate. Integr Comp Biol 44: 163–176.
doi: 10.1093/icb/44.2.163 PMID: 21680496

4.

Stirling I, Øritsland NA (1995) Relationships between estimates of ringed seal (Phoca hispida) and
polar bear (Ursus maritimus) populations in the Canadian Arctic. Can J Fish Aquat Sci 52: 2594–2612.

5.

Stirling I, Jonkel C, Smith P, Robertson R, Cross D (1977) The Ecology of the polar bear (Ursus maritimus) along the western coast of Hudson Bay. Canadian Wildlife Service Occasional Paper. 33, 64pp.

6.

Atkinson SN, Ramsay MA (1995) The effects of prolonged fasting on the body composition and reproductive success of female polar bears (Ursus maritimus). Funct Ecol 9: 559–567.

7.

Stirling I, Parkinson CL (2006) Possible effects of climate warming on selected populations of polar
bears (Ursus maritimus) in the Canadian Arctic. Arctic 59: 261–275.

8.

Molnár PK, Derocher AE, Thiemann GW, Lewis MA (2010) Predicting survival, reproduction and abundance of polar bears under climate change. Biol Conserv 143: 1612–1622.

9.

Atkinson SN, Nelson RA, Ramsay MA (1996) Changes in the body composition of fasting polar bears
(Ursus maritimus): The effect of relative fatness on protein conservation. Physiol Zool 69: 304–316.

10.

Molnár PK, Klanjscek T, Derocher AE, Obbard ME, Lewis MA (2009) A body composition model to estimate mammalian energy stores and metabolic rates from body mass and body length, with application
to polar bears. J Exp Biol 212: 2313–2323. doi: 10.1242/jeb.026146 PMID: 19617423

11.

Hobson KA, Stirling I, Andriashek DS (2009) Isotopic homogeneity of breath CO2 from fasting and
berry-eating polar bears: Implications for tracing reliance on terrestrial foods in a changing Arctic. Can J
Zool 87: 50–55.

12.

Cattet M. (2000) Biochemical and physiological aspects of obesity, high fat diet, and prolonged fasting
in free-ranging polar bears. Ph.D. dissertation, University of Saskatchewan, Saskatoon.

13.

Gormezano LJ, Rockwell RF (2013) What to eat now? Shifts in terrestrial diet in western Hudson Bay.
Ecol Evol 3: 3509–3523. doi: 10.1002/ece3.740 PMID: 24223286

14.

McMillan C, Parker PL, Fry B (1980) 13C/12C ratios in seagrasses. Aquat Bot 9: 237–249.

15.

Hobson KA, Sharp CM, Jefferies RL, Rockwell RF, Abraham KF (2011) Nutrient allocation strategies to
eggs by lesser snow geese (Chen caerulescens) at a sub-arctic colony. Auk 128: 156–165.

16.

Derocher AE, Andriashek D, Stirling I (1993) Terrestrial foraging by polar bears during the ice-free period in western Hudson Bay. Arctic 46: 251–254.

17.

Thiemann GW, Iverson SJ, Stirling I (2008) Polar bear diets and arctic marine food webs: Insights from
fatty acid analysis. Ecol Monogr 78: 591–613.

18.

Koettlitz R (1898) Contributions to the natural history of the polar bear (Ursus maritimus, Linn.). Proc R
Phys Soc 14: 78–112.

19.

Pedersen A (1966) Polar Animals. New York: Taplinger Publishing. 188 p.

20.

Koch T.J., 1975. The year of the polar bear. New York: Macmillan Publishing Company. 150p.

21.

Gormezano LJ, Rockwell RF (2013b) Dietary composition and spatial patterns of polar bear foraging on
land in western Hudson Bay. BMC Ecol 13: 51 doi: 10.1186/1472-6785-13-51 PMID: 24359342

22.

Iles DT, Peterson SL, Gormezano LJ, Koons DN, Rockwell RF (2013) Terrestrial predation by polar
bears: not just a wild goose chase. Polar Biol 36: 1373–1379.

23.

Stempniewicz L, Kidawa D, Barcikowski M, Iliszko L (2013) Unusual hunting and feeding behaviour of
polar bears on Spitsbergen. Polar Rec 50: 216–219.

24.

Gilbert BK (1999) Opportunities for social learning in bears. In: Box HO, Gibson KR (Eds.), Mammalian
social learning: comparative and ecological perspectives. Symp Zool Soc Lond 72. November (1996)
London, U.K, p. 225–235.

25.

Estes JA, Riedman ML, Staedler MM, Tinker MT, Lyon BE (2003) Individual variation in prey selection
by sea otters: patterns, causes and implications. J Anim Ecol 72: 144–155.

26.

Rockwell RF, Gormezano LJ, Koons DN (2011) Trophic matches and mismatches: can polar bears reduce the abundance of nesting snow geese in western Hudson Bay? Oikos 120: 696–709.

27.

Kooijman SALM (2010) Dynamic Energy Budget Theory for Metabolic Organisation, 3rd ed. Cambridge: Cambridge University Press. 532 p.

PLOS ONE | DOI:10.1371/journal.pone.0128520 June 10, 2015

18 / 21

Land-Based Foods May Alleviate Polar Bear Energy Deficits

28.

Schmidt-Nielsen K (1972) Locomotion: energy cost of swimming, flying, and running. Science 177:
222–228. PMID: 4557340

29.

Taylor CR, Heglund NC, Maloiy GMO (1982) Energetics and mechanics of terrestrial locomotion. I. Metabolic energy consumption as a function of speed and body size in birds and mammals. J Exp Biol 97:
1–21. PMID: 7086334

30.

Molnár PK (2009) Modelling future impacts of climate change and harvest on the reproductive success
of female polar bears (Ursus maritimus). Ph.D. Thesis, University of Alberta.

31.

Latour PB (1981) Spatial relationships and behavior of polar bears (Ursus maritimus Phipps) concentrated on land during the ice-free season of Hudson Bay. Can J Zool 59: 1763–1774.

32.

Derocher AE, Stirling I (1990) Distribution of polar bears (Ursus maritimus) during the ice-free period in
western Hudson Bay. Can J Zool 68: 1395–1403.

33.

Regehr EV, Lunn NJ, Amstrup SC, Stirling I (2007) Survival and population size of polar bears in western Hudson Bay in relation to earlier sea ice breakup. J Wildl Manage 71: 2673–2683.

34.

Rockwell RF, Gormezano LJ (2009) The early bear gets the goose: climate change, polar bears and
lesser snow geese in western Hudson Bay. Polar Biol 32: 539–547.

35.

Post E, Forchhammer MC (2008) Climate change reduces reproductive success of an Arctic herbivore
through trophic mismatch. Phil Trans R Soc B 363: 2369–2375. PMID: 18006410

36.

R Development Core Team. R: A language and environment for statistical computing. R Foundation for
Statistical Computing, Vienna, Austria. ISBN 3-900051-07-0. Available: http://www.R-project.org
(2008).

37.

Rockwell RF, Dufour K, Reed E, Koons DN (2012) Modeling the Mid-continent Population of Lesser
Snow Geese. In: Leafloor JO, Moser TJ, Batt BDJ (Eds). Evaluation of special management measures
for midcontinent lesser snow geese and Ross’s geese. Arctic Goose Joint Venture Special Publication.
U.S. Fish and Wildlife Service, Washington, D.C. and Canadian Wildlife Service, Ottawa, Ontario. p.
178–201.

38.

Koons DN, Rockwell RF, Aubry LM (2013) Effects of exploitation on an overabundant species: the lesser snow goose predicament. Journal of Animal Ecology 83: 365–374.

39.

Badzinski SS, Ankney CD, Leafloor J, Abraham KF (2001) Composition of eggs and neonates of Canada Geese and Snow Geese. Auk 118: 687–697.

40.

Romanoff AL (1967) Biochemistry of the Avian Embryo. New York: John Wiley & Sons. 398p.

41.

O’Connor R (1984) The Growth and Development of Birds. New York: John Wiley. 326 p.

42.

Cooke F, Rockwell RF, Lank DB (1995) The Snow Geese of La Perouse Bay: Natural Selection in the
Wild. Oxford: Oxford University Press. 289 p.

43.

Ankney CD (1980) Egg weight, survival and growth of lesser snow goose goslings. J Wildlife Manage
44: 174–182.

44.

Badzinski SS, Ankney CD, Leafloor J, Abraham KF (2002) Growth and development of prefledging
Canada geese and lesser snow geese: ecological adaptation or physiological constraint? Auk 119:
221–227.

45.

Aubin AE, Dunn EH, MacInnes CD (1986) Growth of lesser snow geese on arctic breeding grounds.
Condor 88: 365–370.

46.

Slattery SM, Alisauskas RT (1995) Egg characteristics and body reserves of neonate Ross’ and lesser
snow geese. Condor 97: 970–984.

47.

Robbins CT (1993) Wildlife feeding and nutrition. 2nd Ed. New York: Academic Press. 356 p.

48.

Schmidt-Nielsen K (1997) Animal Physiology: Adaptation and Environment. Cambridge: Cambridge
University Press. 607 p.

49.

Best R (1985) Digestibility of ringed seals by the polar bear. Can J Zool 63: 1033–1036.

50.

Gormezano LJ (2014) How important is land-based foraging to polar bears (Ursus maritimus) during
the ice-free season in western Hudson Bay? An examination of dietary shifts, compositional patterns,
behavioral observations and energetic contributions. Ph.D. dissertation, City University of New York,
New York.

51.

Ankney CD, MacInnes CD (1978) Nutrient reserves and reproductive performance of female lesser
snow geese. Auk 95: 459–471.

52.

Cooch G (1957) Mass ringing of flightless blue and lesser snow geese in Canada’s eastern Arctic. Wildf
Tr 8: 58–67.

53.

Hohman WL, Ankney CD, Gordon DH (1992) Ecology and management of postbreeding waterfowl. In:
Batt BDJ, Afton AD, Anderson MG, Ankney CD, Johnson DH, et al. (Eds.), Ecology and management
of breeding waterfowl. Minneapolis: University of Minnesota Press. p. 128–189.

PLOS ONE | DOI:10.1371/journal.pone.0128520 June 10, 2015

19 / 21

Land-Based Foods May Alleviate Polar Bear Energy Deficits

54.

Russell RH (1975) The food habits of polar bears of James Bay and southwest Hudson Bay in summer
and autumn. Arctic 28: 117–129.

55.

Ankney CD (1979) Does the wing molt cause nutritional stress in lesser snow geese? Auk 96: 68–72.

56.

Brook RK, Richardson ES (2002) Observations of polar bear predatory behaviour toward caribou. Arctic 55: 193–196.

57.

Gunn A, Russell D, Eamer J (2011) Northern caribou population trends in Canada. Canadian biodiversity: ecosystem status and trends 2010, Technical Thematic Report No. 10. Canadian Councils of Resource Ministers. Ottawa, Ontario iv + 71pp. Available: http://www.biodivcanada.ca/default.asp?lang=
En&n=137E1147-1.

58.

Stuart-Smith AK, Bradshaw CJA, Boutin S, Hebert DM, Rippin B (1997) Woodland caribou relative to
landscape patterns in northeastern Alberta. J Wildl Manage 61: 622–633.

59.

Abraham KF, Thompson JE (1998) Defining the Pen Islands Caribou Herd of southern Hudson Bay.
Rangifer Special Issue No. 10: 221–230.

60.

Abraham KF, Pond BA, Tully SM, Trim V, Hedman D, Chenier C, et al. (2012). Recent changes in summer distribution and numbers of migratory caribou on the southern Hudson Bay coast. Rangifer Special
Issue 20: 269–276.

61.

Russell DE, Kofinas G, Griffith B (2002) Barren-Ground Caribou Calving Ground Workshop: Report of
Proceedings. Technical Report Series No. 390. Canadian Wildlife Service, Ottawa, Ontario.

62.

Whitten KR, Garner GW, Mauer FJ, Harris RB (1992) Productivity and early calf survival in the Porcupine caribou herd. J Wildl Manage 56: 201–212.

63.

Bergerud AT (1996) Evolving perspectives on caribou population dynamics, have we got it right yet?
Rangifer Special Issue No. 9: 95–116.

64.

Gerhart KL, White RG, Cameron RD, Russell DE (1996) Estimating fat content of caribou from body
condition scores. J Wildl Manage 60: 713–718.

65.

Reimers E, Ringberg T (1983) Seasonal changes in body weights of Svalbard reindeer. Acta Zool Fenn
175: 69–72.

66.

McEwan EH, Wood AJ (1966) Growth and development of the barren ground caribou: I. Heart girth,
hind food length and body weight relationships. Can J Zool 44: 401–411.

67.

Aubry LM, Rockwell RF, Cooch EG, Brook RW, Mulder CP, et al., (2013) Climate, phenology, and habitat degradation: drivers of gosling body condition and juvenile survival in lesser snow geese. Glob
Chang Biol 19: 149–160. doi: 10.1111/gcb.12013 PMID: 23504727

68.

Alisauskas RT, Rockwell RF, Dufour KW, Cooch EG, Zimmerman G, et al. (2011). Effect of population
reduction efforts on harvest, survival and population growth of Midcontinent lesser snow geese. Wildl
Monogr 179: 1–42.

69.

Russell DE, Martell AM, Nixon WA (1993) The range ecology of the Porcupine Caribou Herd in Canada.
Rangifer Special Issue 8: 1–168.

70.

Joly K, Jandt RR, Klein DR (2009) Decrease of lichens in Arctic ecosystems: the role of wildfire, caribou, reindeer, competition and climate in northwestern Alaska. Polar Res 28: 433–442.

71.

Joly K, Klein DR, Verbyla DL, Rupp TS, Chapin FS (2011) Linkages between large-scale climate patterns and the dynamics of Arctic caribou populations. Ecography 34: 345–352.

72.

Griffith B, Douglas DC, Walsh NE, Young DD, McCabe TR, et al. (2002) The Porcupine Caribou Herd.
In: Douglas DC, Reynolds PE, Rhode EB (2002) Arctic refuge coastal plain terrestrial wildlife research
summaries, U.S. Geological Survey, Biological Resources Division, Biological Resources Division, Biological Science Report USGS/BRD/BSR-2002-0001. p. 8–37.

73.

Sharma S, Couturier S, Côté SD (2009) Impacts of climate change on the seasonal distribution of migratory caribou. Glob Chang Biol 15: 2549–2562.

74.

Walsh NE, Faney SG, McCabe TR, Pank LF (1992) Habitat use by the Porcupine caribou herd during
predicted insect harassment. J Wildl Manage 56:465–473.

75.

Balme G, Hunter L, Slotow R (2007) Feeding habitat selection by hunting leopards Panthera pardus in
a woodland savanna: prey catchability versus abundance. Anim Behav 74: 589–598.

76.

Cresswell W, Quinn JL (2010) Attack frequency, attack success and choice of prey group size for two
predators with contrasting hunting strategies. Anim Behav 80: 643–648.

77.

Derocher AE, Wiig Ø, Bangjord G (2000) Predation of Svalbard reindeer by polar bears. Polar Biol 23:
675–678.

78.

Ovsyanikov NG (1996) Interactions of polar bears with other large mammals, including man. J Wildl
Res 1: 254–259.

PLOS ONE | DOI:10.1371/journal.pone.0128520 June 10, 2015

20 / 21

Land-Based Foods May Alleviate Polar Bear Energy Deficits

79.

Stirling I, McEwan EH (1975) The caloric value of whole ringed seals (Phoca hispida) in relation to polar
bear (Ursus maritimus) ecology and hunting behavior. Can J Zool 53: 1021–1027. PMID: 1167176

80.

Stirling I (1974) Midsummer observations on the behavior of wild polar bears (Ursus maritimus). Can J
Zool 52: 1191–1198.

81.

Smith TG (1980) Polar bear predation of ringed and bearded seals in the land-fast sea ice habitat. Can
J Zool 58: 2201–2209.

82.

Drent R, Prop J (2008) Barnacle goose Branta leucopsis survey on Nordenskiöldkysten, west Spitsbergen 1975–2007: breeding in relation to carrying capacity and predator impact. Circumpolar Stud 4:
59–83.

83.

Smith AE, Hill MRJ (1996) Polar bear, Ursus maritimus, depredation of Canada Goose, Branta canadensis, nests. Can Field Nat 110: 339–340.

84.

Madsen J, Bregnballe T, Frikke J, Kristensen IB (1998) Correlates of predator abundance with snow
and ice conditions and their role in determining timing of nesting and breeding success in Svalbard
Light-bellied Brent Geese Branta bernicla hrota. Nor Polarinst Skr 200: 221–234.

85.

Donaldson GM, Chapdelaine G, Andrews JD (1995) Predation of thick-billed murres, Uria lomvia, at
two breeding colonies by polar bears, Ursus maritimus, and walruses, Odobenus rosmarus. Can Field
Nat 109: 112–114.

86.

Smith PA, Elliott KH, Gaston AJ, Gilchrist HG (2010) Has early ice clearance increased predation on
breeding birds by polar bears? Polar Biol 33: 1149–1153.

87.

Chassin PS, Taylor CR, Heglund NC, Seeherman HJ (1976) Locomotion in lions: energetic cost and
maximum aerobic capacity. Physiol Zool 49: 1–10.

88.

Williams TM, Yeates L (2004) The energetics of foraging in large mammals: a comparison of marine
and terrestrial predators. Int Congr Ser 1275: 351–358.

89.

Hurst RJ, Leonard ML, Watts PD, Beckerton P, Øritsland NA (1982) Polar bear locomotion: body temperature and energetic cost. Can J Zool 60: 40–44.

90.

Ramsay MA, Hobson KA (1991) Polar bears make little use of terrestrial food webs: evidence from stable-carbon isotope analysis. Oecologia 86: 598–600.

91.

Hobson KA, Stirling I (1997) Low variation in blood δ13 among Hudson Bay polar bears: implications for
metabolism and tracing terrestrial foraging. Mar Mammal Sci 13: 359–367.

92.

Chow BA, Hamilton J, Cattet MRL, Stenhouse G, Obbard ME, et al. (2011) Serum corticosteroid binding globulin expression is modulated by fasting polar bears (Ursus maritimus). Comp Biochem Physiol
Part A 158: 111–115. doi: 10.1016/j.cbpa.2010.09.017 PMID: 20883811

93.

Weissman C (1990) The metabolic response to stress: An overview and update. Anesthesiology 73:
308–327. PMID: 2200312

94.

Feinman RD, Fine EJ (2007) Nonequilibrium thermodynamics and energy efficiency in weight loss
diets. Theor Biol Med Model 4: 27–39. PMID: 17663761

95.

Stephenson RL, Tan FC, Mann KH (1984) Stable carbon isotope variability in marine macrophytes and
its implications for food webs. Mar Biol 81: 223–230.

96.

Winiarski KJ, McWilliams SR, Rockwell RF (2012) Rapid environmental degradation in a subarctic ecosystem influences resource use of a keystone avian herbivore. J Anim Ecol 81: 1132–1142. doi: 10.
1111/j.1365-2656.2012.01981.x PMID: 22471734

97.

Hobson KA, Fish A, Karnovsky N, Holst M, Gagnon J, et al. (2002) A stable isotope δ13C,δ15N model
for the North Water food web: implications for evaluating trophodynamics and the flow of energy and
contaminants. Deep-Sea Research II 49: 5131–5150.

98.

Roth JD (2002) Temporal variability in arctic fox diet as reflected in stable-carbon isotopes; the importance of sea ice. Oecologia 133: 70–77. doi: 10.1007/s00442-002-1004-7 PMID: 24599371

99.

Parnell AC, Inger R, Bearhop S, Jackson AL (2010) Source partitioning using stable isotopes: coping
with too much variation. PLoS ONE, 5: e9672. doi: 10.1371/journal.pone.0009672 PMID: 20300637

PLOS ONE | DOI:10.1371/journal.pone.0128520 June 10, 2015

21 / 21

